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Tibetan permafrost largely formed during the late Pleistocene glacial period and shrank in the
Holocene Thermal Maximum period. Quantifying the impacts of paleoclimatic extremes on
soil carbon stock can shed light on the vulnerability of permafrost carbon in the future. Here,
we synthesize data from 1114 sites across the Tibetan permafrost region to report that
paleoclimate is more important than modern climate in shaping current permafrost carbon
distribution, and its importance increases with soil depth, mainly through forming the soilʼs
physiochemical properties. We derive a new estimate of modern soil carbon stock to 3 m
depth by including the paleoclimate effects, and ﬁnd that the stock (36:6þ2:32:4 PgC) is triple that
predicted by ecosystem models (11.5 ± 4.2 s.e.m PgC), which use pre-industrial climate to
initialize the soil carbon pool. The discrepancy highlights the urgent need to incorporate
paleoclimate information into model initialization for simulating permafrost soil carbon
stocks.
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There is evidence that the paleoclimate has inﬂuenced thecycling of soil carbon through shifting biomes1–3 and byaltering soil physiochemical properties4. If such inﬂuences
were common, then the current distribution of soil carbon stocks
should contain footprints of the paleoclimate at timescales ran-
ging from centuries to millennia3. Such paleoclimate signals
would be expected to be strongest in permafrost soils, where
much of the soil carbon is locked in a frozen state5–7, and,
therefore, only susceptible to change from the most extreme
paleoclimate events. Only the warmest and coldest periods are
likely to leave recognizable changes on the soil carbon in these
soils.
Land regions of permafrost constitute the largest soil carbon pool
in terrestrial ecosystems8,9 and, with an area of 1.06 million km2,
the Tibetan Plateau is the largest alpine permafrost area outside the
polar regions10. Permafrost carbon cycling in the Tibetan Plateau
has, therefore, come under intense scrutiny11. Currently, the region
is characterized by a semiarid climate12,13, and has a rate of
warming of twice the global average14. Evidence from preserved
relict permafrost and periglacial phenomena, indicate that the main
body of the existing Tibetan permafrost was formed during the last
glaciation period, at the end of the late Pleistocene15,16, which was
characterised by cold and arid periglacial environments. Subse-
quently, the Tibetan permafrost experienced intensive and exten-
sive degradation in the middle Holocene, during which time the
temperature increase was greater than that during any of the fol-
lowing warming periods, and the total permafrost area was reduced
to ~50–60% of the current area16. To date, it has not been
demonstrated whether these extreme paleoclimate signals are
retained in the Tibetan permafrost soil carbon, or if they have
already been erased by subsequent smaller climate oscillations.
Understanding the inﬂuence of past climate extremes on Tibetan
soil carbon could shed light on the vulnerability of the permafrost
soil carbon pool to future climate change. This is especially so for
the case of the mid-Holocene, which could provide a geological
analogue for future climate over the Tibetan Plateau17.
Here, we compile data from 1114 sites collected during 11 ﬁeld
campaigns across the Tibetan permafrost region, and use multiple
statistical techniques to assess the relative importance of climates
from the last glacial maximum (LGM), an extremely cold period
22,000 years ago; the mid-Holocene (MidH), a hypsithermal
period about 6000 years ago; and the modern climate
(1975–2015) in driving the current spatial pattern of permafrost
soil carbon. Our results show that paleoclimate is more important
than the modern climate in determining current soil carbon
stocks, and its importance increases progressively with soil depth.
Direct physical explanations for this pattern are offered. When
we include paleoclimate as an additional predictor in a machine
learning algorithm to re-assess Tibetan soil carbon stocks in the
top three metres of the soil, we ﬁnd that the present generation of
terrestrial ecosystem models are biased towards low soil carbon
stocks, highlighting the need to include paleoclimate information
in soil carbon model initialization.
Results
Paleoclimate controls on permafrost soil carbon distribution.
Based on the compiled soil carbon data set for the Tibetan per-
mafrost region (Fig. 1), we used random forest modelling to rank
the relative importance of paleoclimate (LGM and MidH) and
modern climate in driving the spatial pattern of permafrost car-
bon in the top 30 cm of the soil. According to the increase in the
residual sum of squares (see Methods), the random forest models
indicated that paleo-temperature in LGM and MidH was almost
as important as modern precipitation (Fig. 2a). Furthermore,
variation partitioning modelling showed a larger contribution
from paleoclimate alone (12%) than from modern climate alone
(4%) in predicting soil carbon distribution. Paleoclimate and
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Fig. 1 The locations and soil organic carbon density (SOCD) of the top 30 cm layer for the 1114 sampling sites over the permafrost regions on the Tibetan
Plateau. The deep soil carbon measurements (at a depth of more than 2m) are indicated by black outlines for the coloured dots. The modern permafrost
map was obtained from the National Snow & Ice Data Center65
ARTICLE NATURE COMMUNICATIONS | https://doi.org/10.1038/s41467-019-12214-5
2 NATURE COMMUNICATIONS |         (2019) 10:4195 | https://doi.org/10.1038/s41467-019-12214-5 | www.nature.com/naturecommunications
modern climate jointly explained an additional 25% of the total
variance (Fig. 2b). These results suggest that paleoclimate has a
strong inﬂuence on soil carbon distribution, even in the top 30 cm
soil layer. Paleo-temperature was found to be the most important
paleoclimate variable for the formation of the current permafrost
soil carbon distribution (Fig. 2a). This ﬁnding is as expected,
because the areal extent of permafrost was mainly shaped by low
temperatures during cold periods such as the LGM (Supple-
mentary Fig. 1). The compartmentation of soil carbon in the
remnants of ancient buried permafrost formed during paleocli-
mates may greatly inﬂuence current soil carbon stocks. This
ﬁnding, however, differs from the results for arid and semiarid
regions, where paleo-precipitation was found to be the main
driver among all the investigated factors, including both paleo
and modern climates3.
There are two mechanisms by which paleoclimate could
inﬂuence current soil carbon (Supplementary Fig. 2). In the ﬁrst
mechanism, the organic carbon in modern soils is directly derived
from the vegetation formed under paleoclimate conditions3. In
the second mechanism, the paleoclimate exercises a degree of
control over the formation of soil physiochemical properties,
which subsequently, indirectly, determine the degree of stabiliza-
tion of the organic carbon4. We have used structural equation
modelling to evaluate these direct and indirect effects of
paleoclimate on the current distribution of soil carbon in the
top 30 cm of the soil (Fig. 2c; Supplementary Fig. 3, Supplemen-
tary Table 1). Direct effects on permafrost soil carbon distribution
were observed for both temperature (standardized path coefﬁ-
cient= 0.17, P < 0.001) and precipitation (standardized path
coefﬁcient= 0.13, P < 0.001) in the LGM (Supplementary Fig. 3).
This observation is in agreement with the results of soil
radiocarbon (14C) dating studies in the relict permafrost, where
the carbon age can be dated to 20~40 thousand years BP16,18.
The structural equation modelling results also reveal a distinct
and indirect impact of paleoclimate on soil carbon through
changing soil physiochemical properties (Fig. 2c, Supplementary
Fig. 3). The soil physiochemical characteristics (i.e., soil texture,
cation exchange capacity, total phosphorus and potassium),
determining the capacity to stabilize soil carbon inputs19–21, have
evolved slowly under the inﬂuence of past climate regimes, and
there is increasing evidence showing the importance of
physiochemical properties in controlling soil carbon stock over
the Tibetan Plateau22,23. This is supported by other studies, which
have found that considering a diversity of soil evolution processes
was a key factor in assessing soil carbon or nitrogen patterns24,25.
Our results further show that the indirect effect (standardized
effect= 0.39) is larger than the direct effect (standardized
effect= 0.30; Fig. 2c), suggesting that the inﬂuence of paleocli-
mate on Tibetan permafrost soil carbon distribution operated
primarily through modifying soil physiochemical properties, with
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Fig. 2 Relative importance of paleo- and modern climates in regulating soil carbon stock over the permafrost regions of the Tibetan Plateau based on
multiple statistical models. The relative importance matrix includes results from: a Random Forest modelling; b Variation Partitioning modelling;
c Structural Equation Modelling (SEM). T, the ﬁrst principle component of all temperature-related variables; P, the ﬁrst principle component of all
precipitation-related variables. d shows the partial correlation coefﬁcients between SOCD of the top 30 cm layer and mean annual temperature (RSOCD-T)
and mean annual precipitation (RSOCD-P) in modern times when none of, each of, and all of the soil property variables were controlled (separated by the
vertical broken lines). The soil property variables are clay content (Clay), sand content (Sand), soil pH, total potassium (K), total phosphorus (P) and cation
exchange capacity (CEC). *Denotes signiﬁcant at P < 0.05
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the direct effect taking a secondary role. If the preservation of
paleo-vegetation signals in the upper soil layers predominantly
explained the current soil carbon distribution, the legacy impacts
of the LGM should be signiﬁcantly concealed by those of the
MidH. During the Holocene Thermal Maximum (HTM),
intensive permafrost thawing occurred down to a depth of
~15–25 m on the Tibetan Plateau16,26, and the areal extent of
permafrost represented by the freezing index (see Methods) also
decreased substantially, with the magnitude of the mean decline
being nearly 22% over the Tibetan Plateau (Supplementary
Fig. 4). Such thawing would be expected to have greatly increased
soil carbon decomposition. However, the fact that we can detect
the LGM legacies on the upper-layer soil carbon, means that the
inﬂuence of paleoclimate on soil properties is the most likely
explanation of paleoclimate legacies on current soil carbon
stocks4. The indirect mechanism is further supported by radio-
carbon dating of soil organic carbon in the soils over the Tibetan
Plateau (Supplementary Table 2). The relatively young age
obtained by this method suggests that the current top soil layers
are not likely to originate from LGM-vegetation. The results of
correlation analysis between soil carbon and modern climate
variables, with and without controlling for the effect of soil
physiochemical properties, gives further robustness to the above
ﬁndings derived from the structural equation modelling.
Speciﬁcally, the correlations signiﬁcantly decreased, or even
became insigniﬁcant, after removing the effects of soil properties
(Fig. 2d), conﬁrming that the paleoclimate effect mainly operated
through changing soil properties.
To quantify the relative contributions of paleoclimate and
modern climate to current soil carbon distributions at different
soil depths, the Lindeman–Merenda–Gold method was used (see
Methods). The results suggested an increasingly important role of
paleoclimate with increasing soil depth (Fig. 3). Speciﬁcally, in the
top 10 cm of the soil, the variances explained by paleoclimate
(LGM and MidH) and modern climate were 58% (25 and 33%)
and 42%, respectively, and at 50 cm were 72% (38 and 34%) and
28%, respectively. At soil depths greater than 200 cm, the current
soil carbon distribution is predominantly regulated by paleocli-
mate (more than 80% of the relative variance) (Fig. 3). This
vertical pattern was not found when a global data set, mainly
from non-permafrost regions, was analysed, although paleocli-
mate did explain a large proportion of the variation of carbon
distribution in the top soil layer3. This result is expected, since
organic carbon in surface soil layers is much more vulnerable to
microbial decomposition in response to warming-induced top-
down thawing, than in deeper layers of permafrost9. In addition,
the stronger effect of physical protection and chemical sorption in
deeper soils should also play a role20,27.
A new estimate of Tibetan permafrost soil carbon stocks.
Previous assessments of the Tibetan soil carbon pools have relied
on a collection of predictors based only on modern climate and
remote sensing-based vegetation features28–31. Here, we have
merged modern climate and remote sensing-based methods
common in previous estimates, with paleoclimate, landform and
soil geochemical properties (Supplementary Fig. 5) in multiple
machine learning algorithms, to make a new estimate of the
permafrost soil carbon pool over the Tibetan Plateau (see
Methods).
According to the results from the best predictive model,
Support Vector Machine (Supplementary Fig. 6), the Tibetan soil
organic carbon pool to a depth of 3 m (see Methods) was
estimated to be 36.6 PgC (95% conﬁdence range: 34.2–38.9 PgC),
and the mean soil organic carbon density (SOCD) was estimated
to be 15.4 kg Cm−2 (95% conﬁdence range: 14.4–16.4 kg Cm−2)
(Supplementary Fig. 7). It is noteworthy that the actual soil layer
thickness could be highly variable over the Tibetan Plateau, but
has been assumed to be uniform in previous estimates28–31. We
included the soil layer thickness in the machine learning-based
model, and found that lack of information on the spatial variation
of soil layer thickness could have led to an overestimation of the
3 m soil carbon stock by 3.6 PgC ( ~10%).
Model-observation comparison of Tibetan soil carbon stock.
The comparison of our new estimate of permafrost soil carbon
stock with estimates from state-of-the-art terrestrial ecosystem
models suggests that, generally, the models have underestimated
soil carbon stock over the Tibetan Plateau (Fig. 4a). The LPJ-wsl
and TEM6 models are exceptions to this general rule. The sig-
niﬁcant variability in the performance of the ecosystem models
could be related to differences in the models’ representation of
soil carbon input and output (see Supplementary Discussion).
Here, we used the Bayesian model averaging method (BMA),
which is conditional on an independent observation data32, to
tone down the role of models that have notable deﬁciencies in
representing major physiological processes. Given the availability
of satellite-derived net primary productivity (NPP) product33, we
adopted NPP, as an indicator of vegetation carbon input, to rank
the model performance. Larger weights were assigned to models
that have a better performance in simulating NPP with respect to
satellite-derived observations. We found that the pool size of the
weighted ensemble mean of the 11 models is 11.5 ± 4.2 s.e.m PgC,
which is less than one-third of our new estimate. In addition, the
models fail to describe the spatial pattern of soil carbon stock.
The best spatial correlation between the modelled stock and our
estimate was found for ISAM (r= 0.55, P < 0.001), and GTEC
(r= 0.45, P < 0.001), while the correlations for CLASS_CTEM,
LPJ_wsl, TEM6 and VEGAS2.1 are less than 0.3 (Fig. 4b).
We further calculated the spatially explicit indices relative dis-
tance (RD) and cross correlation (CC) at multiple scales to
examine spatial similarities between the models and our estimate
using the Comparison Map Proﬁle (CMP) method34. We found
20 30 40 50 60 70 80
0
300
200
100
So
il d
ep
th
 (c
m)
Relative importance (% of R 2)  
Modern
MidH
LGM
Paleoclimate
Fig. 3 Standardized relative importance of paleo- and modern climate for
the spatial pattern of soil carbon stock over the permafrost regions on the
Tibetan Plateau at various soil depths. The relative importance was
determined by the Lindeman–Merenda–Gold method60. Note that the
relative importance of paleoclimate (blue curve) is the sum of the values of
LGM and MidH (grey curves) by layer
ARTICLE NATURE COMMUNICATIONS | https://doi.org/10.1038/s41467-019-12214-5
4 NATURE COMMUNICATIONS |         (2019) 10:4195 | https://doi.org/10.1038/s41467-019-12214-5 | www.nature.com/naturecommunications
that eight out of eleven models, particularly CLASS_TEM,
CLAM4VIC, GTEC and SiBCASA, clearly underestimated the
Tibetan soil carbon stock (Supplementary Fig. 8). We also
observed a large spatial inconsistency between simulated soil
carbon stock and our estimates, with a low correlation in most
parts of the study area (Supplementary Fig. 9). Even the models
such as LPJ-WSL and TEM6, which simulated a total soil carbon
stock of comparable size to our estimate, still fail to capture the
spatial distribution of soil carbon stock, as indicated by the
generally low values of correlation (Supplementary Fig. 9). For
these two models, the overestimation in the western Tibetan
Plateau effectively compensates for the underestimation in the
east, leading to an apparent model-observation match in terms of
the total soil carbon stock (Supplementary Fig. 8).
There was a nearly perfect relationship between the initial soil
carbon stock after model spin-up and the present-day
(1980–2010) stock across the models (r2= 0.99, P < 0.001;
Supplementary Fig. 10), highlighting the critical role of model
spin-up in the estimation of soil carbon stock. The present-day
soil carbon stock was derived from the transient simulation that
started from steady-state initial conditions after spin-up and was
run forward in time through the historical period until 2010,
using observed time-varying climate and CO235. In these models,
the soil carbon pools were initialized by the early 1900’s climate
rather than the paleoclimate. The fact that paleoclimate
information is not used for soil carbon initialization may have
led to signiﬁcant errors in the model estimates of soil carbon
stocks. To test whether the lack of paleoclimate information led to
the biased simulation of modern carbon stock by the ecosystem
models, we correlated the paleoclimates to the difference between
the ensemble model simulations (paleoclimate not considered)
and our estimation (paleoclimate considered). The results reveal
signiﬁcant and strong correlations with paleo-temperature (r=
−0.21, P < 0.001 for LGM; r=−0.22, P < 0.001 for MidH) and
weak correlations with paleo-precipitation (r=−0.03, P < 0.001
for LGM; r=−0.09, P < 0.001 for MidH). These results are
consistent with the relative importance analysis that shows
greater importance of paleo-temperature in regulating the current
soil carbon stock (Fig. 2a). This result is expected because the
formation of the permafrost due to low temperature may lead to
the inhibition of both respiration in frozen soils and vertical
mixing of soil carbon between the surface and permafrost layers.
These processes are generally lacking in the current generation of
ecosystem models36. This study provides evidence that illustrates,
for the ﬁrst time, the bias caused by the lack of paleoclimate
information in ecosystem models.
In addition to paleoclimates, other processes that are not well
resolved in current ecosystem models, such as soil carbon
turnover time, may also account for some of the model
underestimation. Firstly, poor model representation of the long
turnover time of deep soil carbon, especially in permafrost-
affected regions, may lead to signiﬁcant underestimation of soil
carbon stock37,38. The current soil carbon models adopt a single
vertically integrated soil carbon pool, without considering the
vertical gradients in soil carbon stability and decomposability37.
In reality, the part of the organic carbon stored in deep layers,
many thousands of years older than the surface organic carbon, is
generally considered to be stable due to low decomposition rates,
especially in permafrost-affected regions7,9. Therefore, it’s
possible that the omission of this vertical dimension in the
modelling of soil carbon cycling may contribute to the models’
underestimation. This hypothesis is in agreement with our
model-observation comparison analysis, which showed that there
was a higher degree of underestimation in permafrost-affected
soils than in non-permafrost affected soils (Supplementary
Fig. 11). Secondly, several typical alpine vegetation types, such
as marsh meadow and alpine meadow, which are characterized by
relatively high organic carbon density and slow soil carbon
turnover rates, were not well represented in the models of the
MsTMIP protocol39. To test whether this limitation contributes
to the model underestimation, we compared the relative distance
between the observed and modelled soil carbon stock for different
vegetation types. We found that the soil carbon stock was severely
underestimated in marsh meadow (mean relative distance=
−88%) and alpine meadow (mean relative distance=−64%)
(Supplementary Fig. 11). Since these two types of alpine
vegetation cover about one-third of the total area of the plateau,
accounting for 41% of the total soil carbon stock, these
underestimates represent a major contribution to the overall
model underestimation.
Discussion
We compiled a unique soil carbon data set to show that extreme
paleoclimatic signals from the LGM and MidH can be detected in
the current soil carbon stock across the Tibetan permafrost
regions. The paleoclimatic legacies are retained mainly through
impacts on soil physiochemical properties, particularly in the
upper soil horizons. We also found a clear increasing trend of
paleoclimate effects on current soil carbon stock with soil depth.
These ﬁndings emphasize the necessity of considering paleocli-
mate legacies, especially paleo-temperature conditions, when
estimating contemporary alpine permafrost carbon stocks. This is
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of critical importance for improving assessments of permafrost
carbon stocks, particularly in deep layers, where a greater inﬂu-
ence of paleoclimate was observed. Our new estimate of the
carbon pool, obtained by including paleoclimate as an additional
predictor, is triple the size of current modelled values. Future
modelling of soil carbon cycling should include paleoclimate as
well as its interaction with soil properties during the model spin-
up period so as to accurately represent the impacts of paleocli-
mate on soil properties. In addition, the methodology introduced
in this paper could be used to quantitatively assess the paleocli-
matic footprint on the permafrost soil carbon stock in other
permafrost regions such as the pan-arctic region. Such assess-
ments could provide a more complete understanding of paleo-
climate effects on permafrost soil carbon stock that in turn can
help with the understanding of permafrost soil carbon dynamics
in a warmer future.
However, we should caveat our ﬁndings regarding the impact
of paleoclimate on soil carbon distribution, because the paleo-
climate parameters are model-derived and not validated from
proxy data. There is a growing discipline of reconstructing past
climate records based on a variety of paleoclimatic proxies such as
lake sediments, pollen and glaciers over some regions of the
Tibetan Plateau40–42. Further studies which blend paleoclimatic
model simulations with such multiproxy data, along with their
reasonable climatic interpretation, are required so as to provide
spatial reconstructions of observationally-constrained paleocli-
mate over the Tibetan Plateau. Additionally, to enable future land
surface models to fully account for paleoclimatic impacts on
permafrost soil carbon stock, other paleoclimatic variables such as
humidity, pressure and radiation, not just temperature and pre-
cipitation, should be prepared and downscaled to the relatively
high temporal resolution (e.g., sub-daily) required by the models.
Methods
Study area and soil carbon data collection. The Tibetan Plateau, the highest and
largest plateau in the mid-latitudes, has the world’s largest area (1.06 × 106 km2) of
alpine permafrost, accounting for 8% of the Northern Hemisphere’s permafrost,
and 75% of its alpine permafrost10,23. Due to strong orographic effects, there is a
great spatial variability of many environmental conditions, such as altitude, volu-
metric soil water content and soil layer thickness, over the Tibetan Plateau13,43.
In addition to low temperature, the Tibetan climate is characterized by aridity
in the main body of the plateau13, and so, due to limited water content in the soil,
the periglacial landforms and processes typical of the polar regions, such as ground
heave, subsidence and ice wedges, are less developed here12. According to in situ
observations, the ice content in Tibetan permafrost is 12%44 and the active layer
thickness ranges from 0.6 to 3.5 m45. The Tibetan Plateau is mainly covered by
cold- and drought-adapted vegetation, including alpine steppe and alpine meadow
communities, accounting for 63% of the total area of the plateau, with the
remaining parts covered by forests, shrubs, alpine deserts, marsh meadows and
cultivated lands. Cambisols and leptosols are the two main soil types on the
plateau, together covering about 77% of the whole area30.
We have synthesized soil data collected from 1114 sites during 11 ﬁeld
campaigns conducted by multiple research teams over the past three decades. The
data sources include China’s second national soil survey (National Earth System
Science Data Sharing Infrastructure, National Science & Technology Infrastructure
of China (http://www.geodata.cn), published work23,29–31,46–49 and some
unpublished data. This data set represents the state-of-the-art soil carbon data set
for the Tibetan Plateau (Fig. 1). The spatial representativeness of the sampling sites,
in terms of both sample size and spatial coverage, is unprecedented in the region.
Soil organic carbon density (SOCD, kg Cm−2) was estimated based on soil
organic carbon concentration (SOCC, g kg−1), bulk density (BD, g cm−3), soil layer
depth (T, cm) and rock (diameter larger than 2 mm) content (C, %) in layer i, using
the following formulation:30
SOCD¼
Xn
i¼1
T i ´BDi ´ SOCCi ´
1  Cið Þ
100
ð1Þ
Since all sites have data for the top 30 cm soil layer, we ﬁrst assessed the relative
contributions of paleo- and modern climate using 30 cm SOCD. The missing
values of BD (21%) were estimated using pedotransfer functions between SOCC
and BD, while missing rock content values (29%) were estimated by using the mean
values for the same soil type.
The full data set includes 325 sites with deep soil data (extending to more than
200 cm in depth) (Fig. 1), with SOCD data for seven different layers: 0–10, 10–20,
20–30, 30–50, 50–100, 100–200 and 200–300 cm. These data substantially
improved the spatial coverage, especially in the western half of the permafrost
regions, where the number of deep soil data per unit area was less than half of that
in the eastern half in a previous study30. These deep soil carbon data enabled us to
develop a function of SOCD changes with soil depth, which was subsequently used
to extrapolate deep soil carbon stock values for the sites without deep soil carbon
records.
Climate data. We compiled a climate data set composed of climate over the period
1975–2015 (modern climate), and paleoclimates in the mid-Holocene (MidH) and
the Last Glacial Maximum (LGM). The data consists of nine temperature-related
variables and eight precipitation-related variables for each period. Speciﬁcally, the
temperature-related variables are: annual mean temperature; temperature season-
ality; maximum temperature of the warmest month; minimum temperature of the
coldest month; annual temperature range; mean temperature of the wettest quarter;
mean temperature of the driest quarter; mean temperature of the warmest quarter;
and the mean temperature of the coldest quarter. The precipitation-related vari-
ables are: annual precipitation; precipitation of the wettest month; precipitation of
the driest month; precipitation seasonality; precipitation of the wettest quarter;
precipitation of the driest quarter; precipitation of the warmest quarter; and pre-
cipitation of the coldest quarter. These climate data were retrieved from multiple
sources. The modern climate data were obtained from WorldClim (www.
worldclim.org), while the paleoclimate data in the MidH and the LGM were
retrieved from the Community Climate System Model (CCSM4; www.cesm.ucar.
edu/models/ccsm4.0/)50, with a spatial resolution of 2.5 arc minutes.
Principle component analysis was used for the climate variables in each period
to eliminate multicollinearity. The scores in the ﬁrst principle component,
explaining between 70 and 85% of the variance, were used to represent the
integrative climate conditions for each epoch.
Soil property data. Both physical29,30 and chemical properties21,51 of soil may
affect the spatial pattern of soil carbon stock. For example, a positive relationship
between cation exchange capacity (CEC) and SOCC has been widely reported52,53.
Therefore, we synthesized data with multiple key soil physical (i.e., soil moisture
and texture), and geochemical factors, such as CEC, K, P and pH.
The spatially explicit soil property data were sourced from publicly available
databases or were derived from spatial interpolation of site observations as
described below. The root-zone soil moisture data were obtained from version 3.0a
of the GLEAM data set54, while soil texture data was taken from the National Earth
System Science Data Sharing Infrastructure, National Science & Technology
Infrastructure of China (http://www.geodata.cn). Total K and P were extrapolated
using Kriging interpolations to cover the missing values. The interpolation analyses
were performed using the Geostatistical Toolbox of ArcMap 10.0 (Environmental
Systems Research Institute, Inc., Redlands, CA, USA). Soil pH and CEC data were
extracted from the SoilGrids data set (http://data.isric.org/geonetwork/srv/chi/
catalog.search#/metadata/5333b1af-7620-407f-8bca-2303fc5c7288) with a spatial
resolution of 250 m.
The climate (both modern and paleoclimate) and soil properties data were used
to assess the relative importance of modern and paleoclimate in affecting modern
soil carbon stock using a variety of statistical methods, and then subjected to the
SVM model to predict the modern carbon stock over the entire study region. Note
that the modern climate and soil property data are based on observation data sets,
while paleoclimate data were retrieved from the Community Climate System
Model as described above.
Vegetation and topography data. Both vegetation type and vegetation coverage
were considered. The vegetation type information for each observational site was
obtained from Vegetation Atlas of China maps with a scale of 1: 1 000 00055. To
determine vegetation coverage, the remotely sensed Normalized Difference Vege-
tation Index (NDVI) was used. NDVI is designed to represent vegetation biomass
and subsequent carbon input for soil carbon stock. The NDVI data were derived
from the GIMMS NDVI3g data set (https://ecocast.arc.nasa.gov) with a horizontal
resolution of 0.083° and a 15-day interval.
In addition to the factors described above, we also included some basic site
information such as altitude, slope and relief intensity, as well as geomorphological
information, by categorizing the observational sites into the following four
landforms: plain; medium-gradient hill; high-gradient hill; and high-gradient
mountain. The landform, slope and relief intensity were derived from the Soil and
Terrain Database (SOTER) for China (http://data.isric.org/geonetwork).
Quantifying the relative importance of the paleoclimates. We used a combined
approach involving multiple statistical models to analyse the relative importance of
paleo- and modern climate. Speciﬁcally, random forest analysis was used to rank
the relative importance of the predictors. In this method, the importance of each
predictor is determined by evaluating the decrease in prediction accuracy, that is,
increase in the node purity, as measured by the decrease in sum of squares between
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observations and predictions when it was removed from the model3. These ana-
lyses were conducted using the RandomForest package in the R statistical software.
Variation partitioning modelling was used to identify the relative importance of
paleoclimate and modern climate on soil carbon stock. Variation partitioning is an
invaluable tool, as it can identify the individual contributions of a group of
predictors of interest and joint contributions between predictors to a given
response variable56. Hence, it allows an independent portion of the variance to be
attributed to the climate variables from mid-Holocene and Last Glacial Maximum
periods that cannot be ascribed to the current climate. Variation partitioning
analyses were conducted with the R package vegan.
Structural equation modelling (SEM) was used to identify the direct and
indirect (via soil properties) effects of paleoclimate on soil carbon stock, and to
evaluate the contributions of these factors by assessing the degree of the
standardized total effect (direct effect plus indirect effect)57. SEM is characterised
by its utility for partitioning direct and indirect effects of many predicted variables
on the response variable using covariance58, to help understand complex natural
systems. All the SEM analyses were conducted using AMOS 21.0.
In addition, we used partial correlation analysis between the soil carbon stock
and the current climate with soil variables controlled separately, and with all soil
properties controlled, to identify the effect of the current climate on the soil carbon
stock. Changes in the relative importance of paleoclimate with soil depth were
investigated using deep soil proﬁles and the R package relaimpo59. We quantiﬁed
the relative contributions of the regressors using the Lindeman–Merenda–Gold
method. This method decomposes R2 into non-negative contributions that
automatically sum to the total R2, with bootstrap conﬁdence intervals to assess the
stability of the ranking60.
Freezing index changes from LGM to MidH. To understand whether there was
intensive permafrost thawing at the mid-Holocene, we calculated the freezing index
(FI, Eqs. 2–3) for LGM and MidH periods using paleoclimate simulations from the
CCSM model, and analysed the relative change of the freezing index from LGM to
MidH to infer the change of permafrost extent. The freezing index was calculated
by accumulating the average daily temperatures below 0 °C61.
FI¼
XN
i¼1
jTij;T i<0 C ð2Þ
FI change %ð Þ ¼ FILGM  FIMidHð Þ=FILGM  100 ð3Þ
Prediction and modelled simulations of soil carbon stock. Machine learning
techniques have been proved to be a powerful tool for soil carbon
predictions30,62,63. Here, we used several different machine learning algorithms to
estimate SOCD over the permafrost regions of the Tibetan Plateau. These were:
Support Vector Machine (SVM); Random Forest; Artiﬁcial Neural Network;
Classiﬁcation and Regression Trees; and Multivariate Adaptive Regression Splines.
The results of the leave-one-out cross-validation suggested that SVM showed the
best performance in the prediction of the top 30 cm SOCD (r2= 0.65, P < 0.001)
(Supplementary Fig. 6).
We, therefore, used SVM and a high resolution (250 m) soil depth data set
(http://data.isric.org/geonetwork/srv/chi/catalog.search#/metadata/f36117ea-9be5-
4afd-bb7d-7a3e77bf392a) to estimate the top 30 cm soil carbon stock in a spatially
explicit manner over the permafrost regions of the Tibetan Plateau. Three-metre
soil carbon stock was then derived by extrapolation from the 30 cm soil carbon
stock based on the SOCD-soil depth relationship function (Supplementary Fig. 12).
Note that for the regions with a soil depth of less than 3 m, the soil carbon stock
was adjusted by actual soil depth data. According to the limited existing evidence
on the plateau, soils deeper than 3 m in depth may also store a certain amount of
soil carbon23. However, the small number of deep sample sites on the plateau (only
11 cores are available), and their severely biased spatial distribution, means that it’s
currently impossible to make a reliable soil carbon estimate for the whole plateau
for depths greater than 3 m.
An uncertainty estimate that originated from sampling sites and vertical
interpolation of soil carbon stock was provided for the estimation of soil carbon
stock on the Tibetan Plateau. To account for the uncertainty introduced by
sampling sites, we adopted a bootstrap method (random sampling with
replacement) to generate 1000 pseudo replicates, which were used to establish the
SVM model in estimating the 30 cm soil carbon stock. Here, we relied on a
regression model for vertical extrapolation of deeper-layer soil carbon stock from
the top 30 cm layer. The regression model was derived from the relationship
between soil organic carbon density and soil depth across 325 sites with deep soil
proﬁle data. To estimate the uncertainty due to the vertical extrapolation, we
adopted the Monte Carlo sampling technique to draw 1000 random sets of
predicted values from their normal distributions with the estimated mean and
standard deviations obtained from the regression model for each grid. These two
types of uncertainty were merged to yield an estimate of the uncertainty in Tibetan
soil carbon stock.
The modelled simulations of soil carbon stock were derived from global gridded
(at a 0.5° spatial resolution) outputs (version 1) of 11 terrestrial biosphere models
which took part in the Multi-scale Synthesis and Terrestrial Model Intercomparison
Project (MsTMIP)64. The models used were: CLASS_CTEM, CLM4, CLM4VIC,
DLEM, GTEC, ISAM, LPJ_wsl, ORCHIDEE-LSCE, SiBCASA, TEM6, and
VEGAS2.1. All the global model simulations were conducted with similar forcing
data, spin-up procedures, and boundary condition39. The simulated carbon pools
came to the equilibrium after the model spin-up in MsTMIP experimental design
(https://nacp.ornl.gov/MsTMIP_variables.shtml). The steady-state criterion for
carbon ﬂuxes is that the 100-year mean change in total ecosystem carbon stock must
be below 1 gm−2 yr−1 during the model spin-up35. The soil depth layer across
models ranges from 1 to 36m (Supplementary Fig. 13, Supplementary Table 3). We
used soil carbon simulations from the SG3 scenario, with time-varying forcing of
climate, land use history and atmospheric CO2 concentration39, for the period 1975-
2010, and resampled the output to 0.1o resolution to facilitate comparison with the
observation-based predictions.
Model-observation similarity analysis of soil carbon stock. We used the
Comparison Map Proﬁle (CMP) method34 to examine spatial similarity between
the output of the models and our estimate. Speciﬁcally, we calculated the relative
distance (RD) and cross correlation (CC) at scales from 1 to 20 (scale 1, 5 and 10
representative of 3 × 3 pixel, 11 × 11 pixel and 21 × 21 pixel moving windows,
respectively). The arithmetically averaged values of all mono-scale RD and CC
maps were used to examine spatial similarity between the observations and the
model simulations (Eqs. 4–6).
RD ¼ x  yð Þ=y  100 ð4Þ
CC ¼ 1
N2
XN
i¼1
XN
j¼1
xij  x
 
´ yij  y
 
σx ´ σy
ð5Þ
σ2x ¼
1
N2  1
XN
i¼1
XN
j¼1
xij  x
 2
ð6Þ
where x and y represent averaged values of modelled and observational SOCD over
moving windows, respectively; xij and yij are the pixel value at row i and column j
of the two moving windows for the compared soil carbon stock maps. σx and σy are
the standard deviations calculated within the two moving windows.
Data availability
The authors declare that the majority of the data supporting the ﬁndings of this study are
available through the links given in the paper. The unpublished data are available from
the corresponding author upon request.
Code availability
The new estimate of Tibetan soil carbon stock and R code are available in a persistent
repository (https://ﬁgshare.com/s/4374f28d880f366eff6d).
Received: 22 February 2019 Accepted: 22 August 2019
References
1. Monger, C. et al. Legacy effects in linked ecological–soil–geomorphic systems
of drylands. Front. Ecol. Environ. 13, 13–19 (2015).
2. Strickland, M. S., Keiser, A. D. & Bradford, M. A. Climate history shapes
contemporary leaf litter decomposition. Biogeochemistry 122, 165–174 (2015).
3. Delgado-Baquerizo, M. et al. Climate legacies drive global soil carbon stocks in
terrestrial ecosystems. Sci. Adv. 3, e1602008 (2017).
4. Sanderman, J. Comment on “Climate legacies drive global soil carbon stocks
in terrestrial ecosystems”. Sci. Adv. 4, e1701482 (2018).
5. Dutta, K., Schuur, E. A. G., Neff, J. C. & Zimov, S. A. Potential carbon release
from permafrost soils of Northeastern Siberia. Glob. Change Biol. 12,
2336–2351 (2006).
6. Zimov, S. A., Schuur, E. A. G. & Chapin, F. S. Permafrost and the global
carbon budget. Science 312, 1612–1613 (2006).
7. Strauss, J. et al. Deep Yedoma permafrost: a synthesis of depositional
characteristics and carbon vulnerability. Earth-Sci. Rev. 172, 75–86 (2017).
8. Hugelius, G. et al. Estimated stocks of circumpolar permafrost carbon with
quantiﬁed uncertainty ranges and identiﬁed data gaps. Biogeosciences 11,
6573–6593 (2014).
9. Schuur, E. A. G. et al. Climate change and the permafrost carbon feedback.
Nature 520, 171–179 (2015).
10. Zou, D. et al. A new map of permafrost distribution on the Tibetan Plateau.
Cryosphere 11, 2527–2542 (2017).
11. Yu, C. et al. Ecological and environmental issues faced by a developing Tibet.
Environ. Sci. Technol. 46, 1979–1980 (2012).
NATURE COMMUNICATIONS | https://doi.org/10.1038/s41467-019-12214-5 ARTICLE
NATURE COMMUNICATIONS |         (2019) 10:4195 | https://doi.org/10.1038/s41467-019-12214-5 | www.nature.com/naturecommunications 7
12. Wang, S. On the classiﬁcation of permafrost on Qinghai-Xizang Plateau. Arid
Land Geography 20, 56–61 (1997).
13. Yang, M., Nelson, F. E., Shiklomanov, N. I., Guo, D. & Wan, G. Permafrost
degradation and its environmental effects on the Tibetan Plateau: a review of
recent research. Earth-Sci. Rev. 103, 31–44 (2010).
14. Kuang, X. & Jiao, J. J. Review on climate change on the Tibetan Plateau during
the last half century. J. Geophys Res: Atmos. 121, 3979–4007 (2016).
15. Zhou, Y. W., Guo, D. X., Qiu, G. Q., Cheng, G. D. & Li, S. D. Frozen Ground
in China (Science Press, 2000).
16. Jin, H. J., Chang, X. L. & Wang, S. L. Evolution of permafrost on the Qinghai-
Xizang (Tibet) Plateau since the end of the late Pleistocene. J. Geophys. Res.
112, F02S09 (2007).
17. Zhao, Y., Yu, Z. & Zhao, W. Holocene vegetation and climate histories in the
eastern Tibetan Plateau: controls by insolation-driven temperature or
monsoon-derived precipitation changes? Quat. Sci. Rev. 30, 1173–1184
(2011).
18. Cheng, J. X. et al. Ice-wedge casts discovered in the source area of the Yellow
River, northeast Tibetan Plateau and their paleoclimatic implications. Quat.
Sci. 26, 92–98 (2006).
19. Fontaine, S. et al. Stability of organic carbon in deep soil layers controlled by
fresh carbon supply. Nature 450, 277–280 (2007).
20. Six, J., Conant, R. T., Paul, E. A. & Paustian, K. Stabilization mechanisms of
soil organic matter: Implications for C-saturation of soils. Plant Soil 241,
155–176 (2002).
21. Doetterl, S. et al. Soil carbon storage controlled by interactions between
geochemistry and climate. Nat. Geosci. 8, 780–783 (2015).
22. Fang, K., Qin, S., Chen, L., Zhang, Q. & Yang, Y. Al/Fe Mineral controls on
soil organic carbon stock across Tibetan Alpine Grasslands. J. Geophys. Res-
Biogeosci. 124, 247–259 (2019).
23. Mu, C. et al. Editorial: Organic carbon pools in permafrost regions on the
Qinghai-Xizang (Tibetan) Plateau. Cryosphere 9, 479–486 (2015).
24. Mu, C. et al. Pedogenesis and physicochemical parameters inﬂuencing soil
carbon and nitrogen of alpine meadows in permafrost regions in the
northeastern Qinghai-Tibetan Plateau. Catena 141, 85–91 (2016).
25. Baumann, F., He, J.-S., Schmidt, K., KÜHn, P. & Scholten, T. Pedogenesis,
permafrost, and soil moisture as controlling factors for soil nitrogen and
carbon contents across the Tibetan Plateau. Glob. Change Biol. 15, 3001–3017
(2009).
26. Jin, H., Zhao, L., Wang, S. & Jin, R. Thermal regimes and degradation modes
of permafrost along the Qinghai-Tibet Highway. Sci. China Ser. D: Earth Sci.
49, 1170–1183 (2006).
27. Sollins, P., Homann, P. & Caldwell, B. A. Stabilization and destabilization of
soil organic matter: mechanisms and controls. Geoderma 74, 65–105 (1996).
28. Wu, H., Guo, Z. & Peng, C. Distribution and storage of soil organic carbon in
China. Glob. Biogeochem. Cy. 17, 1048 (2003).
29. Yang, Y. et al. Storage, patterns and controls of soil organic carbon in the
Tibetan grasslands. Glob. Change Biol. 14, 1592–1599 (2008).
30. Ding, J. et al. The permafrost carbon inventory on the Tibetan Plateau: a new
evaluation using deep sediment cores. Glob. Change Biol. 22, 2688–2701
(2016).
31. Zhao, L. et al. Soil organic carbon and total nitrogen pools in permafrost zones
of the Qinghai-Tibetan Plateau. Sci. Rep. 8, 9 (2018).
32. Wasserman, L. Bayesian model selection and model averaging. J. Math.
psychol. 44, 92–107 (2000).
33. Kolby Smith, W. et al. Large divergence of satellite and Earth system model
estimates of global terrestrial CO2 fertilization. Nat. Clim. Change 6, 306–310
(2015).
34. Gaucherel, C., Alleaume, S. & Hely, C. The comparison map proﬁle method: a
strategy for multiscale comparison of quantitative and qualitative images.
IEEE T. Geosci. Remote 46, 2708–2719 (2008).
35. Huntzinger, D. N. et al. The North American Carbon Program Multi-Scale
Synthesis and Terrestrial Model Intercomparison Project – Part 1: Overview
and experimental design. Geosci. Model Dev. 6, 2121–2133 (2013).
36. Koven, C. D. et al. Permafrost carbon-climate feedbacks accelerate global
warming. Proc. Natl Acad. Sci. USA 108, 14769–14774 (2011).
37. Koven, C. D. et al. The effect of vertically resolved soil biogeochemistry and
alternate soil C and N models on C dynamics of CLM4. Biogeosciences 10,
7109–7131 (2013).
38. Luo, Y. et al. Toward more realistic projections of soil carbon dynamics by
Earth system models. Glob. Biogeochem. Cy. 30, 40–56 (2016).
39. Tian, H. et al. Global patterns and controls of soil organic carbon dynamics as
simulated by multiple terrestrial biosphere models: Current status and future
directions. Glob. Biogeochem. Cy. 29, 2014GB005021 (2015).
40. Thompson, L. G. et al. Holocene—late Pleistocene climatic ice core records
from Qinghai-Tibetan Plateau. Science 246, 474–477 (1989).
41. Bird, B. W. et al. A Tibetan lake sediment record of Holocene Indian summer
monsoon variability. Earth Planet Sc. Lett. 399, 92–102 (2014).
42. Van Campo, E., Cour, P. & Sixuan, H. Holocene environmental changes in
Bangong Co basin (Western Tibet). Part 2: The pollen record. Palaeogeogr.
Palaeocl. 120, 49–63 (1996).
43. Zhou, Y. & Guo, D. Principal characteristics of permafrost in China. J. Glaciol.
Cryopedology 4, 1–19 (1982).
44. Zhao, L., Wu, Q., Marchenko, S. S. & Sharkhuu, N. Thermal state of
permafrost and active layer in Central Asia during the international polar
year. Permafr. Periglac. 21, 198–207 (2010).
45. Pang, Q., Cheng, G., Li, S. & Zhang, W. Active layer thickness calculation over
the Qinghai–Tibet Plateau. Cold Reg. Sci. Technol. 57, 23–28 (2009).
46. Dai, F., Su, Z., Liu, S. & Liu, G. Temporal variation of soil organic matter
content and potential determinants in Tibet, China. Catena 85, 288–294
(2011).
47. Liu, W. et al. Storage, patterns, and control of soil organic carbon and nitrogen
in the northeastern margin of the Qinghai-Tibetan Plateau. Environ. Res. Lett.
7, 035401 (2012).
48. Chen, L. et al. Changes of carbon stocks in alpine grassland soils from 2002 to
2011 on the Tibetan Plateau and their climatic causes. Geoderma 288, 166-174
(2017).
49. Ding, J. et al. Decadal soil carbon accumulation across Tibetan permafrost
regions. Nat. Geosci. 10, 420–424 (2017).
50. Gent, P. R. et al. The Community Climate System Model Version 4. J. Clim.
24, 4973–4991 (2011).
51. Torn, M. S., Trumbore, S. & Chadwick, E. O. A, Vitousek, P. M. & Hendricks,
D. M. Mineral control of soil organic carbon storage and turnover. Nature
389, 170 (1997).
52. Ross, D. S., Matschonat, G. & Skyllberg, U. Cation exchange in forest soils: the
need for a new perspective. Eur. J. Soil Sci. 59, 1141–1159 (2008).
53. Fang, K. et al. Decreased Soil Cation Exchange Capacity Across Northern
China’s Grasslands Over the Last Three Decades. J. Geophys. Res. Biogeosci
122, 3088–3097 (2017).
54. Martens, B. et al. GLEAM v3: satellite-based land evaporation and root-zone
soil moisture. Geosci. Model Dev. 10, 1903–1925 (2017).
55. Chinese Academy of Sciences. Vegetation Atlas of China (Science Press, 2001).
56. Peres-Neto, P. R., Legendre, P., Dray, S. & Borcard, D. Variation partitioning
of species data matrices: estimation and comparison of fractions. Ecology 87,
2614–2625 (2006).
57. Grace, J. B. Structural Equation Modeling and Natural Systems. (Cambridge
University Press, 2006).
58. Shipley, B. Cause and Correlation in Biology. (Cambridge University Press,
2000).
59. Groemping, U. Relative importance for linear regression in R: The package
relaimpo. J. Stat. Softw 17, 10.18637/jss.v017.i01 (2006).
60. Lindeman, R., Merenda, P. & Gold, R. Introduction to bivariate and
multivariate. Gold. Analysis. U. Columbia (1980).
61. Frauenfeld, O. W., Zhang, T. & Mccreight, J. L. Northern Hemisphere
freezing/thawing index variations over the twentieth century. Int. J. Climatol.
27, 47–63 (2007).
62. Wiesmeier, M., Barthold, F., Blank, B. & Kögel-Knabner, I. Digital mapping of
soil organic matter stocks using Random Forest modeling in a semi-arid
steppe ecosystem. Plant Soil 340, 7–24 (2011).
63. Ueyama, M. et al. Upscaling terrestrial carbon dioxide ﬂuxes in Alaska with
satellite remote sensing and support vector regression. J. Geophys. Res.
Biogeosci. 118, 1266–1281 (2013).
64. Huntzinger, D. N., et al. NACP MsTMIP: Global 0.5-degree Model Outputs in
Standard Format, Version 1.0 (ORNL Distributed Active Archive Center,
2018).
65. Brown, J. Jr., Ferrians, O. J., Heginbottom, J. A. & Melnikov, E. S. Circum-
arctic map of permafrost and ground ice conditions. (National Snow and Ice
Data Center. Digital media, Boulder, CO, 1998).
Acknowledgements
This study was supported by the Strategic Priority Research Program (A) of the Chinese
Academy of Sciences (XDA20050101), the second Tibetan Plateau Scientiﬁc Expedition
and Research Program (2019QZKK0606), the National Natural Science Foundation of
China (41871104, 41530528), and Key Research and Development Programs for Global
Change and Adaptation (2017YFA0603604). Jinzhi Ding acknowledges the General
(2017M620922) and the Special Grade (2018T110144) of the Financial Grant from the
China Postdoctoral Science Foundation.
Author contributions
T.W., S.L.P. and J.Z.D. conceived the research, J.Z.D. performed statistical analyses, J.Z.D.
and T.W. wrote the paper, P.S., S.P.W., Z.J.Y., S.R., J.S.H., Y.W.L., D.L. and G.L.Z. con-
tributed to the writing, L.Z., S.Y. C., F.Q.D., Y.N.L., and Y.H.Y. provided soil carbon data,
J.F.M., H.Q.T., X.Y.S., N.Z. and A.A. provided and interpreted the model simulations.
ARTICLE NATURE COMMUNICATIONS | https://doi.org/10.1038/s41467-019-12214-5
8 NATURE COMMUNICATIONS |         (2019) 10:4195 | https://doi.org/10.1038/s41467-019-12214-5 | www.nature.com/naturecommunications
Additional information
Supplementary Information accompanies this paper at https://doi.org/10.1038/s41467-
019-12214-5.
Competing interests: The authors declare no competing interests.
Reprints and permission information is available online at http://npg.nature.com/
reprintsandpermissions/
Peer review information Nature Communications thanks Katherine Crichton, Brett
Raczka and the other, anonymous, reviewer(s) for their contribution to the peer review of
this work. Peer reviewer reports are available.
Publisher’s note Springer Nature remains neutral with regard to jurisdictional claims in
published maps and institutional afﬁliations.
Open Access This article is licensed under a Creative Commons
Attribution 4.0 International License, which permits use, sharing,
adaptation, distribution and reproduction in any medium or format, as long as you give
appropriate credit to the original author(s) and the source, provide a link to the Creative
Commons license, and indicate if changes were made. The images or other third party
material in this article are included in the article’s Creative Commons license, unless
indicated otherwise in a credit line to the material. If material is not included in the
article’s Creative Commons license and your intended use is not permitted by statutory
regulation or exceeds the permitted use, you will need to obtain permission directly from
the copyright holder. To view a copy of this license, visit http://creativecommons.org/
licenses/by/4.0/.
© The Author(s) 2019
NATURE COMMUNICATIONS | https://doi.org/10.1038/s41467-019-12214-5 ARTICLE
NATURE COMMUNICATIONS |         (2019) 10:4195 | https://doi.org/10.1038/s41467-019-12214-5 | www.nature.com/naturecommunications 9
